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Camouflage through cryptic coloration is one of the most widespread antipredator strategies in nature (Cott, 1940; Ruxton, Sherratt, & Speed, 2004; Stevens & Merilaita, 2009; Thayer, 1909) . The term crypsis is used to describe coloration that primarily prevents detection, and encompasses several different forms of camouflage including countershading, background matching and disruptive coloration (Stevens & Merilaita, 2009) . Probably the most common form of crypsis is background matching (Merilaita & Stevens, 2011) , which occurs when an animal's appearance matches the overall colour (hue and saturation), brightness and pattern of one or several background types (Stevens & Merilaita, 2009) .
The overall appearance of many species, for example numerous members of the Lepidoptera, has evolved to match the appearance of specific backgrounds, such as tree bark (e.g. Endler, 1984; Kettlewell, 1955) . Other species may have evolved coloration and body patterns that are a compromise between the attributes of multiple backgrounds rather than specializing to match a single specific background (Houston, Stevens, & Cuthill, 2007; Merilaita, Lyytinen, & Mappes, 2001; Merilaita, Tuomi, & Jormalainen, 1999) . For crypsis to be effective, many animals of fixed appearance exhibit behavioural background matching: they actively choose backgrounds that match their own species, morph or individual level appearance (e.g. Kang, Moon, Lee, & Jablonski, 2013 , 2012 Kettlewell & Conn, 1977; Lovell, Ruxton, Langridge, & Spencer, 2013; Marshall, Philpot, & Stevens, 2016; Stevens, Troscianko, Wilson-Aggarwal, & Spottiswoode, 2017; reviewed by Stevens & Ruxton, 2018) . However, although a fixed camouflage pattern increases survival against predators (Troscianko, Wilson-Aggarwal, Stevens, & Spottiswoode, 2016) it can carry a number of costs (Ruxton et al., 2004) . For instance, a fixed appearance restricts an animal to remaining on a specific background and may prevent prey from taking advantage of potential opportunities, such as foraging on a nonmatching substrate
